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Abstract
Antarctic krill, Euphausia superba, have a circumpolar distribution but are concentrated
within the south-west Atlantic sector, where they support a unique food web and a commer-
cial fishery. Within this sector, our first goal was to produce quantitative distribution maps of
all six ontogenetic life stages of krill (eggs, nauplii plus metanauplii, calyptopes, furcilia, juve-
niles, and adults), based on a compilation of all available post 1970s data. Using these
maps, we then examined firstly whether “hotspots” of egg production and early stage nurs-
ery occurred, and secondly whether the available habitat was partitioned between the suc-
cessive life stages during the austral summer and autumn, when krill densities can be high.
To address these questions, we compiled larval krill density records and extracted data
spanning 41 years (1976–2016) from the existing KRILLBASE-abundance and KRILL-
BASE-length-frequency databases. Although adult males and females of spawning age
were widely distributed, the distribution of eggs, nauplii and metanauplii indicates that
spawning is most intense over the shelf and shelf slope. This contrasts with the distributions
of calyptope and furcilia larvae, which were concentrated further offshore, mainly in the
Southern Scotia Sea. Juveniles, however, were strongly concentrated over shelves along
the Scotia Arc. Simple environmental analyses based on water depth and mean water tem-
perature suggest that krill associate with different habitats over the course of their life cycle.
From the early to late part of the austral season, juvenile distribution moves from ocean to
shelf, opposite in direction to that for adults. Such habitat partitioning may reduce intraspe-
cific competition for food, which has been suggested to occur when densities are exception-
ally high during years of strong recruitment. It also prevents any potential cannibalism by
adults on younger stages. Understanding the location of krill spawning and juvenile develop-
ment in relation to potentially overlapping fishing activities is needed to protect the health of
the south-west Atlantic sector ecosystem.
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Introduction
Antarctic krill (Euphausia superba), hereafter “krill”, provide a key link between primary pro-
duction and a suite of predator species [1–4]. Krill are an important grazer species in the
Southern Ocean [5] with an estimated biomass of between 300 and 500 million tonnes [6].
Their importance in the diets of vertebrate predators is well documented [7] with populations
of penguins, whales, seals, and albatrosses all exhibiting a dependence on krill [8–11]. Krill
also play an important role in iron cycling [12,13] and carbon export [14] and support a com-
mercial fishery, managed by the Commission for the Conservation of Antarctic Marine Living
Resources (CCAMLR) [3,15].
Of the total area in the Southern Ocean (32 million km2), the total suitable krill habitat is
considered to be approximately 18 million km2 [15]. The first circumpolar distribution maps
of krill were compiled from data collected during the Discovery Investigations during the 1920s
and 1930s which have been been fundamental to our understanding of krill [16,17]. These
maps revealed that the circumpolar distribution is assymetric, with higher concentrations in
the south-west Atlantic, the sector where the current fishery now operates. More recent studies
have added further detail, showing that the sector 0o-90oW contains 70% of the total stock
[18].
While the heterogeneous distribution of adult krill in the Southern Ocean is now well docu-
mented, differences in the relative distribution of the life stages within the south-west Atlantic
sector are not so well known. Krill have a complex ontogeny and a lifespan of up to seven years
[19]. The larval stage lasts for the first twelve months and is comprised sequentially of the fol-
lowing: the descent ascent development cycle which begins with eggs sinking up to 1250-
1850m through the water column [20] until they hatch as nauplii and begin swimming back to
surface waters; the metanauplii stage (lasting nine days at 0.5 oC [21]) where the larvae remain
in a non-feeding state; the calyptope stages when the larvae feed for the first time; and the fur-
cilia stages which outlast the first winter. After the furcilia stages the krill moult to post-larval
juveniles, continuing to grow to adulthood in subsequent years. A better knowledge of the rela-
tive distribution of these different life stages would help us to understand the regional distribu-
tion of spawning and recruitment [17], identifying hotspots that may be sensitive to influences
such as climate change and fishing.
The Discovery Investigation [16,17] krill density maps typically presented the data as a series
of overlain bubble plots of abundance, based on a composite of surveys spanning over a
decade. Although these composite maps are hard to draw quantitative insights from, they are
still valuable, and continue to be used as a source reference for the distribution of each life
stage [15]. However, since then the environmental system has changed, with warming and a
changing suite of krill predators, and furthermore a wealth of data has been collected in the
modern era since the 1970s. These include a series of large-scale, semi-synoptic surveys that
have been used to determine the distributions of krill, including FIBEX 1981 [22], SIBEX
1984–85 [23], CCAMLR 2000 [24], Southern Ocean GLOBEC 2001–2005 [25], US AMLR
2011, and Palmer LTER [26]. In addition, a series of maps of krill life stage distributions (some
including larval stages) have been produced from single surveys [27–32]. All of these studies
are valuable to our understanding of krill but, being based on one or a few surveys, they are
spatially and temporally limited and provide only snapshots of krill life stage distribution, each
of which can vary substantially between surveys [33,34]. There has been no attempt, so far, to
map the relative distribution of each krill life stage using all available modern era data, equiva-
lent to the old Discovery approach.
The overall aim of this paper is to quantify and compare the distributions of all the life
stages of krill within the south-west Atlantic sector during the modern (post 1970s) era. The
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approach is similar to that of the “Discovery Investigations” in combining all available data for
each life stage from multiple surveys to produce a “climatology” map of mean distribution.
The much greater volume of data available since the 1970s allowed us to plot the data quantita-
tively as mean densities within grid cells. To achieve this we compiled all available egg and lar-
val krill abundance data from the modern era into a single new database. For the postlarvae we
integrated the data provided from two existing databases, namely KRILLBASE-abundance and
KRILLBASE-length frequency. Our first objective was to identify krill spawning hotspots to
highlight potential source regions for krill recruitment. The second objective was to compare
the relative distributions of the life stages to investigate whether the habitat was partitioned
during the summer season. Distributions of both krill and krill sampling are heterogeneous so,
in addition to the gridded maps, we included simple “habitat analyses” based on water depth
and mean temperature to provide alternative visualisations of the distribution of each life
stage.
Methods
Overview of the krill databases used for this study
In this analysis we combined two existing post-larval krill databases, entitled KRILLBASE-
abundance and KRILLBASE-length-frequency (KRILLBASE-lf) and compiled an additional
database on density of the eggs and larval stages specifically for this study. The source data
compiled for this new larval dataset is detailed in S1 Table. Each of the three databases is a
large, multi-national composite of net sampling data, summarised in Table 1.
All three of the databases have been compiled in a similar manner, with information gath-
ered from a variety of sources ranging from paper logbooks to published reports and institute
records that were sent to us. Since the 1920s and 1930s of the main Discovery era there is a
long gap in data available to us and the first record of what we define in this paper as the “mod-
ern era” was in 1976. This modern era of data comprises 41 years spanning 1976–2016.
The specifics of screening of the individual databases are described in the following sec-
tions. For all three databases the data were pre-screened to include only the south-west Atlan-
tic sector of the Southern Ocean, defined as between 20˚ and 80˚ W. The northern limit of
data extracted from the three databases was determined by the position of the Antarctic Polar
Front. Its position is based primarily on ref [36]–see Fig 1. The Southern limit was determined
by the coast of Antarctica. All data were plotted using ArcGIS version 10.2.2. A few data points
in the length frequency database plotted on land and were removed. Table 2 summarises the
data coverage provided by the three databases after all of the screening procedures. S2 Table
shows the data coverage of the three databases by year. S1 Fig and S1 Table, S3 Table, S4 Table
and S5 Table contain the source data used to create all the figures in the main text.
Table 1. Summary of the three composite databases that were used for this study.
Attribute for each database KRILLBASE-abundance KRILLBASE-length-frequency KRILLBASE-larvae
Source data DOI: 0.5285/8b00a915- 94e3-
4a04-aa903-dd4956346439
Held at the UK Polar Data Centre at the
British Antarctic Survey, Cambridge
Compiled for this study
Reference on data source for
further information
[35] [6] (see S1 Table)
Summary of database All available un-targeted scientific net catches.
Measured in density (no. m-2)
Length, sex and maturity stage data of
post-larval krill
Densities of eggs, nauplii, metanauplii,
calyptopes and furcilia larvae
Years of coverage after
screening
39 40 21
https://doi.org/10.1371/journal.pone.0219325.t001
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Allocation of data into early and late season. The large majority of the KRILLBASE
datasets were from the austral spring-summer-autumn season (i.e. from November to March).
Only a few records were in October or April, and only the larval database had any records in
May (29 stations).
We aimed to use a wide span of coverage (October to May) as we wanted to maximise the
available sample size to provide a robust comparison between the early and late parts of the
season. The sample numbers were indeed small from each ends of the season so in reality they
had little effect on our grid-scale averaging. Giving the fact that there was no clear reason to
exclude them we therefore chose to include them.
For this paper we defined “year” as austral season, such that, for example the year 1980
spanned October 1979 to May 1980. Within each year we further divided all data as being
either “early season” (defined here as 1 October–December 31) or “late season” (1 Jan– 31
May). The majority of the larvae were recorded in the late season, thus providing a natural
division for our analysis of habitat partitioning, while retaining large sample sizes.
KRILLBASE-abundance database. KRILLBASE-abundance (https://www.bas.ac.uk/
project/krillbase) is an open access database of net-based juvenile and adult (post-larval) Ant-
arctic krill and salp densities [35]. Because the database is a composite of multiple sampling
methods with variable efficiency in catching krill, all densities (nos. m-2) used in this analysis
have been standardised to account for variation in sampling method. This procedure is
detailed in Appendix 1 of [18] and its rationale is further explained in [35]. In brief, we used
the KRILLBASE abundance dataset to derive a series of conversion factors based on the net
mouth area, sampling depth, time of day and time of year of sampling. These factors were used
in an empirical model to multiply the catch values for the non-zero krill densities to those of a
single and relatively efficient net sampling method; namely a night-time RMT8 net sampling
from 0–200 m on 1 January. Prior analyses [35] have showed that this standardisation proce-
dure yields a very similar geographic pattern of krill distribution to that based on un-standard-
ised krill densities, although mean values were overall higher.
For our study, we filtered the database for standardised numerical densities of post-larval
krill that fell within the previously outlined spatiotemporal parameters, with additional filter-
ing on sampling depth following Atkinson et al., (2008). Namely, the upper sampling depth
was within the topmost 20m and the bottom sampling depth was at least 50 m depth. This
resulted in a total of 7,627 usable stations out of a possible 12,758.
KRILLBASE-length-frequency database. The full KRILLBASE-length frequency data-
base contains the individual length measurements for >1,000,000 krill, with sex and maturity
stage as additional variables for a portion of these. These values were obtained from both scien-
tific hauls and commercial fisheries. Most of these were oblique or targeted hauls (often towed
horizontally) within the top 200m layer. Unlike the other two databases we included horizontal
hauls in this study to enhance sample sizes, based on our unpublished prior analyses that
showed that the trends in krill length were congruent between the two sampling methods.
After filtering for the spatiotemporal criteria stated in section 2.1, we ensured that any records
outside of the following parameters were removed: Krill<15mm were excluded, since krill
this size would likely be furcilia, counted in the larval database. Records sampled with a
>6mm mesh were excluded due to the possibility of net mesh selection and under-representa-
tion of the smaller krill. This removed both commercial trawl data and some of the scientific
trawls. Data from some scientific nets were further excluded where mesh size was not stipu-
lated, including nets described as trawls. This left 530,018 measured krill from 4,394 stations.
Egg and larval database. We collated the larval database for this study and it contained
density estimates for eggs and individual larval stages. The component surveys and sampling
details are described in S1 Table. These data were not standardised in the same way as the
Spawning hotspots and habitat partitioning in Antarctic krill
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postlarval density data, given the decreased net escape responses of the small larvae. Further,
the nets compiled were restricted to those that provided a reasonable estimation of egg and lar-
val densities (i.e. 100–500 μm. mesh mesozooplankton nets–see S1 Table). An important dif-
ference in the screening compared to the postlarval data was the requirement for the top depth
Fig 1. The study area. Also depicted are CCAMLR management subareas (each of which has its own catch limit), 1000m bathymetry line, Antarctic Polar Front and
the 1˚latitude by 2˚ longitude grid cells used for this study.
https://doi.org/10.1371/journal.pone.0219325.g001
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to be the surface and the bottom depth to be at least 200 m, to ensure that the densities of
calyptopes and furcilia, known to undergo extensive diel vertical migrations, were represented
consistently. We stress that sampling even in the whole of the top 200m layer will under-sam-
ple eggs and nauplii due to the deep developmental cycle, and discuss this issue in section 4.1.
Our compiled larval database contains detailed information on densities of a range of early
life stages, and includes depth distributions of life stages from stratified hauls. We combined
the results from stratified hauls at each station to provide densities (no. m2) within the whole
sampled water column, and for four larval stages; eggs, nauplii plus metanauplii (hereafter
referred to as “nauplii”), calyptopes, and furcilia. Low data availability and the fact that larvae
were relatively rare before January meant that we could only provide late season distributions
for these four larval stages. For our analysis we extracted 1,623 usable stations out of the total
3,449 in this database.
Producing grid maps of krill life stage densities
Baseline maps of land masses were plotted using the WGS 1984 Antarctic Polar Stereographic
co-ordinate system using Arc GIS v 10.2.2. To these maps, a grid of cells, 1o of latitude by 2o of
longitude, and the Antarctic Polar Front position was overlaid (Fig 1). By joining each of the
three databases separately to this grid, we derived a series of mean krill indices for each grid
cell, both for early and late season where data allowed. These indices included densities for
each of our four larval groups (eggs, nauplii plus metanauplii combined, calyptopes and furci-
lia), as well as total post-larval density. From the KRILLBASE length frequency database
extracted for each grid cell, we determined the fractions of juvenile and adult krill (defined
respectively as 15–30 mm and> 30 mm following ref [26]) and the sex ratio for these adult
krill. By multiplying the appropriate indices for each cell we calculated the mean density of
female and male adult krill, juvenile krill, in addition to those of the four larval groups. Calcu-
lations of juvenile and adult densities could only be made if there were values from both the
density and length-frequency databases in any given grid cell. This led to 389 grid cells being
excluded due to lack of length frequency data, and 41 grid cells being excluded due to lack of
post-larval density data. These exclusions obviated the need to interpolate between grid cells.
Selection of environmental data
One of our objectives is to use environmental descriptor data, alongside the plots themselves,
to illustrate the degree of habitat partitioning among krill life stages. We stress that krill life
stage distribution has been linked to a wide range of environmental factors such as sea ice,
phytoplankton concentration, oceanographic fronts, eddies, bathymetry and temperature [4].
It is beyond the scope of this paper to examine how all of these the factors influence the distri-
bution of each life stage. In any case, the timespan of the data pre-date the satellite era, and
matching environmental data, specifically chlorophyll data, are unavailable for most of the 41
sampling years. Instead, for this analysis we selected both mean water depth and mean water
Table 2. The number of stations, per approximate 10-year period, provided by each of the data sets after screening. The lower numbers of stations in the decade
2006–2016 reflects an increase in the use of acoustics and a decrease in funding for large scale surveys. S2 Table provides further breakdown of stations into early and late
austral season coverage for every sampling year.
Number of stations 1976–1985 1986–1995 1996–2005 2006–2016 TOTALS
(after screening)
KRILLBASE-abundance 1682 1522 3153 1270 7627
KRILLBASE-length-frequency 1745 1040 1425 184 4394
KRILLBASE-larvae 776 11 524 312 1623
https://doi.org/10.1371/journal.pone.0219325.t002
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temperature within each grid cell as our habitat descriptor variables. While water depth is
clearly invariant across the 41-year timespan of observations, mean water temperature changes
both seasonally and over longer timescales. The purpose of this temperature index was there-
fore to provide an internally consistent index to portray the radically different distribution pat-
terns of the life stages across the sector.
To derive these two habitat descriptors, ocean bathymetry was sourced from the GEBCO
data series. The most up-to-date GEBCO data available was version GEBCO_2014 grid (The
GEBCO_Grid, www.gebco.net). These data were used to create isobaths and to derive mean
water depth for each of the grid cells used for analysis in ArcGIS. Water depth can be used as a
rough proxy for a grid cell’s position relative to land; 0-1000m being the shelf region, 1000-
2000m the shelf break/slope, 2000-3000m off shelf, 3000-4000m being oceanic and>4000m
ocean trench. To derive mean sea surface temperature (SST) for each grid cell, data from 1 Jan-
uary 1979–1 December 2014 were downloaded from the European centre for medium-range
weather forecasts, specifically the European re-analysis interim dataset. An average February
value was taken for our study area, as described in [35], it contains the least ice cover.
Environmental habitat analysis
As described in section 2.3 there are numerous variables which may influence the distribution
of Antarctic krill [18,37–39]. We sought to summarize key physical habitat characteristics with
a simple index which combines water depth and climatological mean temperature since these
portray the differing habitats of each krill life stage. For our water depth and temperature anal-
yses, we first obtained mean water depths and temperatures for each cell of our 1o latitude by
2o longitude grid. For each sampling station we then related each available life stage density to
its grid mean temperature and depth value. This matrix of linked krill and physical data was
then divided into broad categories of temperature (-2-0 oC, 0–2˚C, 2–4˚C, > 4˚C) and of
depth (0-1000m, 1000-2000m, 2000-3000m, 3000-4000m, >4000m). While other finer divi-
sions were trialled, these broad categories preserved relatively large sample sizes, while still
being able to depict the large differences in habitat that we found between the life stages.
Within each of these combinations of temperature and depth we calculated the arithmetic
mean krill density for each of the life stages.
Results
Overview of sampling coverage and life stage distribution
Temporally, the most intensively sampled period in our analysis was 1996–2005 (5,102 sta-
tions), with the least sampled being 2006–2016 (1,766 stations) (Table 2). Spatially, sampling
was widespread across the south-west Atlantic, albeit with most emphasis on shelf and oceanic
waters surrounding the Scotia Arc, particularly for the length frequency data (Fig 2). We have
compared the relative distributions of the life stages both during the early season (Oct-Dec)
(Fig 3) and the late season (Jan-May) when larvae were abundant (Fig 4). The most striking
features of the maps were first, the general northward and simultaneous horizontal spread of
the larval stages, from eggs to furcilia; second the relatively restricted and off-shelf distribu-
tions of calyptopes and larvae; third, the highly restricted shelf distribution of juveniles, partic-
ularly in the late season; and fourth the much more extensive distributions of the older (adult)
males and females. Thus for example, 58% of all grid cells had an average density of zero for
late juveniles, while the late season males and females had respective values of only 14% and
11%.
Spawning hotspots and habitat partitioning in Antarctic krill
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Distributions and habitat analysis
Given the fundamental differences in bathymetric distributions of the stages evident in Figs 3
and 4, we have plotted their mean bathymetric distributions in Fig 5. We then illustrated the
distribution patterns in terms of depth and temperature combined (Fig 6). The patterns
derived from these various depictions of distribution are described in detail below, in the
sequence from spawning females, through larvae to juveniles.
Adults. Highest densities of adult krill, for both sexes and in both the early and late parts
of the season, tend to be in the vicinity of the Scotia Arc. These elevated densities occur both
over the shelf and over the deep trench environments that lie adjacent to the Scotia Arc. (Figs
Fig 2. Density of sampling coverage for each krill life stage. Natural breaks have been used for the scale division of
number of stations per grid cell: note the difference in scale between life stages. Eggs, nauplii, calyptopes, and furcilia
are depicted here and in the rest of this paper only for the late (January to May inclusive) part of the survey season due
to lack of stations and low abundances in the early part of the season. Sampling intensity plots for combined juveniles
and adults male and female density and length-frequency (LF) are shown both for the “early” (October to December
inclusive) and “late” (January to May inclusive) parts of the survey season. Both the 1000m isobath (continental shelf
edge; solid black line) and the Antarctic Polar Front (dashed black line) are shown.
https://doi.org/10.1371/journal.pone.0219325.g002
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3 and 4). When considering the effect of our other methods of depicting these data (Figs 5 and
6) the overall abundances and distributions of adult males and females are similar, being
found across a broad range of water depth and temperature combinations. However, there is
some evidence for a seasonal change with respect to bathymetric distribution, this being con-
gruent across both sexes. In the early part of the season before January, males and females are
most abundant near shelf and slope waters, whereas in the late season the highest densities of
both sexes are seen off shelf. (Fig 5).
Eggs and nauplii. In contrast to the wide distribution of adults, the greatest densities of
eggs and nauplii appear over or close to the shelves near the tip of the Antarctic Peninsula and
the South Orkneys, with isolated occurrences in the Scotia Sea and south of South Georgia
(Fig 4). Figs 5 and 6 show a strong association of both of these stages with cold shelf and shelf-
slope waters.
Calyptopes and furcilia. Calyptopes and furcilia had similar distributions, but these were
very different to those of all other life stages. Their highest densities were in oceanic waters of
the Scotia Sea, stretching from the tip of the Antarctic Peninsula eastwards across the southern
Scotia Sea. High densities were recorded during a 2011 survey in the Marguerite Bay area (S1
Table) and these are reflected in a secondary high density area in this area in the composite
maps of Fig 4. Overall, both the calyptopes and the furcilia were found most commonly in hab-
itats with deeper and warmer water than found for the eggs. This is well illustrated in both of
our habitat depictions (Figs 5 and 6); highest densities in 2000-400m water depth and 0–2˚C
temperatures that are characteristic of the central/southern Scotia Sea.
Juveniles. To provide a comparison with the eggs and larvae data presented for the late
season of January-May, we start by describing the late season distribution of juveniles. There
are clear population centres evident in Fig 4, both at the Antarctic Peninsula shelf and around
the South Georgia shelf. Exceptionally high juvenile densities seen at South Georgia have been
associated with several notable spawning successes, for example in 1981 and 1996. Summaries
of the habitat (Figs 5 and 6) support a strongly shelf-centred late-season distribution.
By contrast, interpreting the early season distribution of these 15-30mm juvenile krill is not
as straightforward, as these krill may represent a mixture of year classes. In October-December
the smallest in this size range may be nearing 1- year old (i.e. 0+ age class) whereas the largest
may be one year older (1+ age class). Whatever their age, they have a clearly more oceanic dis-
tribution (Figs 5 and 6), albeit with the same broad range of habitat temperatures as late season
juveniles. This movement of the juvenile distribution onto the shelf through the season is thus
opposite in direction to the off-shelf movement of adult males and females.
Discussion
Our analysis based on composite data collected over multiple surveys spanning 41 years pro-
vides overview maps similar in style to the large scale distribution maps from >80 years ago
[16,17], an era when most of the large baleen whales had already been killed and when temper-
atures were cooler [40]. We believe that a synthesis of these krill life stage distribution data
from the modern era into a series of quantitative maps is useful for a number of reasons. First
it brings the wealth of larval krill data collected over the last 41 years into one place, to allow
comparison with existing compilations of postlarval krill data within KRILLBASE [35]. Sec-
ond, it allows the identification of specific habitats that may be particularly sensitive for krill,
Fig 3. Distribution of krill life stages in “early” season (October-December). Scale bars of mean density (no. m-2) in
each grid cell differ between the life stages. Natural breaks are used for scale divisions. Grey represents un-sampled
areas. Both the 1000m isobaths and Antarctic Polar Front are as Fig 1.
https://doi.org/10.1371/journal.pone.0219325.g003
Spawning hotspots and habitat partitioning in Antarctic krill
PLOS ONE | https://doi.org/10.1371/journal.pone.0219325 July 24, 2019 10 / 25
Spawning hotspots and habitat partitioning in Antarctic krill
PLOS ONE | https://doi.org/10.1371/journal.pone.0219325 July 24, 2019 11 / 25
for spawning, nursery of larvae or for recruitment, allowing improved spatial planning for fish-
eries management or conservation. Third, given the ongoing rapid climate change within this
region, we hope that the data and maps can be used for future efforts to model past, present
and future krill distributions and how these may respond to environmental change [37,38,41].
How well do composite maps represent krill life stage distributions?
While net sampling has contributed much to our knowledge of krill, there are several factors
that might affect the quality of data collected. Avoidance [3,16,42], escapement and damage
[43] and bias towards certain life stages [25] all affect net sample data. Previous studies [6,44]
have argued that there is significant under sampling of the juvenile stage of krill, potentially
because of avoidance [3] and the mesh size used for nets [45]. For the younger stages, the early
developmental descent and re-ascent cycle [46] will mean that only a portion of the standing
stocks of eggs, nauplii, metanauplii and even calyptopes will be retained by net sampling,
which is typically only to 200 m depth (S1 Fig). Even the post-larval stages make extensive ver-
tical migrations to over 3000m, leading to underestimates of density based on net sampling in
the upper layers [47,48]. Targeted tows and acoustics have shown very high krill densities
within bays and fjords [49,50], but due to logistical complexities these areas are generally not
sampled in surveys with untargeted tows. For all of these reasons, the emphasis of this study is
on horizontal patterns of abundance of each stage within the surface layers rather than com-
parisons of densities across life stages.
Our maps are generated from composite data collected over many seasons and should not
be interpreted as single-season snapshots. They are thus akin both to the Discovery maps and
more recent coarser-scale composite maps of the circumpolar distribution for calyptopes, fur-
cilia and postlarval krill [4]. A number of large-scale, short-term synoptic surveys have been
used to determine the distributions of krill (FIBEX 1981, SIBEX 1984–85, CCAMLR 2000,
Southern Ocean GLOBEC 2001–2005, US AMLR 2011). These examples form part of the com-
posite database analysed here (S1 Fig). Larval distributions, in particular, vary between surveys
such that some of these surveys provided similar distributions to ours and others did not.
A potential issue for all distribution maps is the uneven distribution of sampling effort. To
address this, all of the data have been averaged by grid cell to provide estimates of mean no. m-
2. However, given the patchiness of krill, the precision of these mean values will inevitably be
much lower in the less intensively sampled oceanic areas. This leads to juxtaposed grid cells
with high and low calculated mean density in the distribution plots of Fig 3 and Fig 4. Notwith-
standing these various issues of sampling, our maps and data visualisations (Figs 3–6) are
based on thousands of sampling stations over multiple years (Table 2) and thereby provide the
best available overview of relative distribution of krill life stages from observational data over
the last 41 years.
Are there spawning hotspots and larval nursery areas?
The calyptope and furcilia stages occur mainly off the tip of the Antarctic Peninsula in the
south Scotia Sea, and with a secondary area in Marguerite Bay off the Western Antarctic Pen-
insula (WAP) which revealed high densities during a survey in 2011[32]. Importantly, these
areas of elevated densities of calyptopes and furcilia are much more restricted than those of
adult krill or eggs. The reasons why calyptopes and furcilia are located only in parts of the
adult distributional range are unclear. It has been suggested [51] that the presence of warmer
Fig 4. Distribution of krill life stages in “late” season (January to May). The map layout is identical to that in Fig 3.
https://doi.org/10.1371/journal.pone.0219325.g004
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Antarctic Circumpolar Current (ACC) water along the Antarctic Peninsula speeds the devel-
opment time of eggs, allowing the hatched nauplii to return to the surface waters with greater
energy reserves, giving them more time to find food. This interpretation suggests that the
chance of an egg reaching the calyptope stage is dependent on having suitable environmental
conditions. Temperature has already been shown to have an impact on the developmental
capacity on the early larval stages [52,53]. The metanauplii stage is the last non-feeding stage;
once they have metamorphosed into calyptopes they must be able to feed. So one explanation
for the relatively localised larval krill distribution is that they exhibit both suitable environmen-
tal conditions for rapid egg development [51,52], coupled to high levels of the correct food
sources both for spawning females [54] and for the calyptope and furcilia stages.
The next conundrum is where the eggs that successfully reach the furcilia stage were
spawned. Our density maps (Fig 4) and analyses (Figs 5 and 6) show that the greatest densities
of eggs, nauplii and metanauplii are found on the shelf or shelf slope around the tip of the Ant-
arctic Peninsula and the South Orkneys. Importantly, we found very few eggs present in the
areas where there were high densities of calyptopes and furcilia. One explanation for this is a
disproportionately high mortality of eggs laid over shelf habitats, either through sinking to the
seafloor and being unable to undertake the developmental cycle or due to elevated predation
[55].
An alternative (and non-mutually exclusive) explanation for the disconnect between the
distributions of feeding and non-feeding larval stages is that eggs laid near the shelf edge were
being advected offshore, in a general northerly and easterly direction [16,56]. Modelling of
particles released along the continental shelf break to the west of the Antarctic Peninsula
shows that they are carried north-northeast by Ekman drift into the path of the fast flowing
ACC [57–59]. Modelled trajectories of larval krill across the Scotia Sea yielded maps of distri-
bution [60] that are similar to those presented here. Importantly some models have also shown
that the speed of particle advection allows enough time for larval development. It has been sug-
gested [57] that krill from the Antarctic Peninsula could potentially reach South Georgia
within 140–160 days. Therefore, we suggest that the presence of calyptopes and furcilia in the
middle of the Scotia Sea is the result of spawning on the continental shelf break region off the
tip of the Antarctic Peninsula and subsequent advection. As these life stages develop, they are
advected further off shore by the hydrographic regime.
Calyptopes and furcilia have also been found around Marguerite Bay at the base of the
WAP. The importance of Marguerite Bay for krill populations has been noted in the past [61–
63]. Interestingly the hydrographic systems along the WAP mean that Marguerite Bay is a
retention point for krill [64,65]. Further modelling work has shown that particles released as
far north as ~65˚S along the WAP will be moved southwards in the coastal current [58]. This
evidence suggests that eggs spawned along the WAP (as far north as ~65˚S) could end up
within Marguerite Bay. It is also possible that these larvae originate from local spawning, but
there are no data to corroborate this.
Notwithstanding our uncertainties over spawning locations, the evidence from the overall
distributions of adults, eggs, nauplii and metanauplii suggests that spawning occurs over wide
areas including both shelf and adjacent deep water habitats, and from the Antarctic Peninsula
up to South Georgia. However, the much more restricted distribution of calyptopes and furci-
lia suggests that many of these advected early stages fail to reach the feeding larval stages.
Fig 5. Mean densities of each life stage in relation to water depth of their sampling location. Note variation in scale of y-axis. These
values were based on arithmetic mean density of all krill stations located within each water depth category. Number of stations contributing
to each depth range is provided above the bars, to emphasise the low sampling density in the deepest environments–the narrow ocean
trenches which lie adjacent to the Scotia Arc. Grey bars are early season (October-December), black bars are late season (January to May).
https://doi.org/10.1371/journal.pone.0219325.g005
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Fig 6. Relative densities of krill life stages in relation to water depth and temperature. To help comparison across the
multiple life stages, the colour coded values within each combination of water depth and temperature are normalised by
calculating them as percentages of the maximum value (i.e. the water depth-temperature combination with the highest mean
krill density). “Early” denotes the period October-December inclusive. “Late” is January to May. Number of stations
contributing to each density estimate is provided for each cell.
https://doi.org/10.1371/journal.pone.0219325.g006
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Partitioning of habitat by different life stages
We found strong evidence for habitat partitioning, visible both on the distribution maps them-
selves and through the use of water depth and mean temperature as simple habitat descriptors
(Figs 5 and 6). While these are not complete descriptions of the krill habitat (which would
include sea ice, food levels and other factors) they are sufficient to illustrate clearly that differ-
ing spatial distributions of the life stages exist. We have attempted to trace the strong differ-
ences in distribution between the life stages and between the early and late halves of the austral
summer season in Fig 7. This illustrates the spatially-separated distributions of the larvae and
juveniles, as well as the opposing on-shelf–off-shelf shifts in distributions of adults and juve-
niles throughout the season.
The strong on-shelf–off-shelf divide between larvae and juveniles is clear in all our depic-
tions of distribution. Eggs were found in greatest densities in cooler, (-2˚C—0˚C) shallower
waters (1000m-2000m) than furcilia, which were found in warmer (0˚C-4˚C), deeper water
(2000m-4000m). This partitioning could be driven partially by the hydrological processes
described above, that advect developing larvae from regions of egg production into down-
stream oceanic waters of the Scotia Sea. The survival of the calyptope and furcilia in the off-
shore region will likely also depend on food availability. This was highlighted by previous
research that modelled the transport of larval stages across the Scotia Sea and found that it
could only be successful under certain food conditions [60].
Food availability is thought not only to determine the success of larval stages but, through
intraspecific competition for food, large scale population fluctuations in adults [66]. Across
this whole sector, the density of postlarval krill can vary both coherently and greatly between
years [1] reflecting high recruitment success only once or twice per decade [67,68]. This epi-
sodic recruitment leads to episodic one or two-year periods with enormous numbers of small
krill (e.g. 1981/1982, 1996/1997). For schooling species, local grazing impact may be intense in
years of high abundance, and only partially alleviated by dietary diversity [1] and by their
nutrient excretion and fertilisation effects [13]. During years of exceptionally high abundance
of larval and juvenile krill, the partitioning of the main habitat between the life stages would
reduce this competition for food.
In addition to its role in reducing food completion among the numerous early life stages of
krill, habitat partitioning may also have other advantages. It would reduce cannibalism,
recorded in post larval krill in the laboratory (49,71, 74) in the field [69], and in larvae in the
laboratory [70]. It may also have advantages in food acquisition. Some studies report a shelf-
ocean gradient in phytoplankton size with microphytoplankton (20–200μm) dominating the
onshore regions and nanophytoplankton (2–20μm) in offshore regions [71–73], in which case
the small and larger life stages may have access to differing size ranges of food. While the feed-
ing behaviours of the life stages (including cannibalism) have seldom been compared, differing
distributions of the life stages may have advantages beyond the reduction in intraspecific
competition.
Whatever the advantages, the mechanisms behind the differing distributions of furcilia and
juveniles are difficult to explain based on our current understanding of krill. The furcilia show
a very clearly-defined distribution over waters between 1000 and 4000m deep and 0˚C-4˚C;
these are characteristic of the Scotia Sea. In contrast, the juveniles have a strong affinity for
shelf and shelf slope habitats (0-2000m) which are both upstream and to the south. As our
main distribution patterns are compared for the “late season” period (i.e. January–May), this
means that these late-season juveniles will be one year older than the corresponding calyptopes
and furcilia. This suggests that, during this intervening year, the developing juveniles have
travelled south-west onto shelf habitats of the Scotia Arc (Fig 7). The Antarctic Peninsula
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experiences annual sea ice cover, and the association of krill furcilia and juveniles to sea ice has
been well documented [28,74–78]. The roles of sea ice for krill is an issue of active study
[41,66,67] but the prevailing drift, both with ice and currents, transports larvae in a general
north-easterly direction towards the Scotia Sea [79]. To counter this, it could be that the juve-
niles migrate back to the southern Scotia Arc where they concentrate during the summer. This
possibility is in line with previous suggestions of horizontal migrations of krill throughout the
season, for example, the concept of an offshore spawning migration [80] and inshore migra-
tions to overwinter [49,81]. Contrasting early and late season bathymetric distributions of
juveniles and adult male and female krill (Fig 6) provide further support for the concept of an
active migration.
In contrast to all of the other life stages, the adult krill (males and females in both the early
and later season) are much more ubiquitous throughout the study area. The very highest den-
sities are found in habitats with very deep water (>4000) and relatively warm temperatures
(2˚C-4˚C) that are characteristic of the north-eastern Scotia Sea. Adult krill can maintain
swimming speeds of 10-15cms-1 [82] and advection must clearly play a strong role in govern-
ing their distribution [83,84]. However, the ability of krill to swim may allow them to move
Fig 7. Schematic of seasonal change in onshelf—offshelf distributions of krill life stages. This illustration is based mainly on our Fig 5. The schematic portrays the
main areas of the distribution relative to the shelf throughout the austral spring to autumn period. It builds on a schematic published in Fig 2.6 of [4], but includes the
observed redistribution of juvenile krill from oceanic waters back to shelf waters throughout the austral spring. This schematic simply reports the changing distributions
seen in our study and does not propose candidate mechanisms such as advection, migration or differential mortality.
https://doi.org/10.1371/journal.pone.0219325.g007
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perpendicularly to the dominant flows [18,85,86]. This ability to influence their destination, in
combination with a multi-year adult lifespan that allows time for dispersal, could explain such
a broad distribution of the adult stages of krill.
Wider implications
Notwithstanding our uncertainty over the driving mechanisms, our study shows that life stages
of krill are partitioned between a range of habitats within their population centre in the south-
west Atlantic sector. For a krill to reach adulthood, these different habitats must be utilised
sequentially over the course of their development. Our study emphasises the importance of the
tip of the Antarctic Peninsula to krill, being the only location where we find high densities of
eggs, adults and juveniles, and where the high densities of calyptopes and furcilia could origi-
nate from.
The localised nature of krill spawning and nursery is also evidenced by the composite maps
from the Discovery Investigations in the 1920s and 1930s [16]. Marr’s [16] multi-season com-
posite bubble plots also show eggs concentrated at the tip of the Antarctic Peninsula, with high
densities of calyptopes and furcilia in the middle of the Scotia Sea. However, recent work [87]
has shown that for post-larvae, their centre of distribution in this sector has contracted south-
ward by about 440 km between the Discovery era and the 1996–2016 period, commensurate
with the substantial warming observed in this sector over that period [40]. Therefore, while the
temperature-based distribution of the life stages may be responding as the climate of the sector
changes, the basic concept of hotspots of spawning and early-stage nursery appears to hold
both for the Discovery and the modern era.
This localised nature of successful spawning is important in the context of the krill fishing
industry. Since the mid-1990s almost all krill fishing in the Southern Ocean has taken place in
the south-west Atlantic, particularly around South Georgia, the South Orkneys and the South
Shetland Islands and, more recently, in the Bransfield Strait [88–90]. The overlap of areas tar-
geted by the fishery and the location of high adult densities is not surprising. However the
presence of eggs in fished locations and the short time between spawning and hatch (~7 days
at 0.5 oC [53]), suggests that the fishery also overlaps with spawning sites. An objective of krill
fishery management is to maintain stable recruitment of the target stock [91]. This objective
might be harder to achieve if fishing intensity at spawning sites increases due either to an over-
all increase in fishing effort or a concentration of effort in these sites. CCAMLR aims to
develop a finer scale management approach than the large subarea catch limits shown in Fig 1
[89]. Information on the location of spawning, such as that provided here, should be consid-
ered in the development of this approach to help minimise fishery impacts on recruitment.
Our study adds to the evidence that within the south-west Atlantic sector there are relatively
localised hotspots of activity, including krill spawning and early stage development, foraging
of land-based predators, fishing, tourism and scientific research [90–93]. We have identified
the Southern Scotia Arc as one such hotspot for the krill life cycle. This area is also a focus for
many human activities, increasing the potential for anthropogenic impacts on the ecosystem.
The region is also undergoing long-term climatic warming and krill distribution and abun-
dance appear to be changing in response [87]. Given the need to understand how krill will
respond to future change, we hope that our data and maps describing the key areas for life-
cycle completion form a baseline for future modelling initiatives.
Supporting information
S1 Table. Source of larval krill data, arranged with each row of data corresponding to a sin-
gle research cruise. The complete larval database was larger than this, but the records listed
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here correspond to the screened subset of data that were used for plotting the distributions.
References provided give more details on the specific research cruises. For a breakdown of the
larval stages analysed on each cruise please see S2 Table.
(DOCX)
S2 Table. The number of stations for each of the life stages is shown for each of the 41 sea-
sons within the study period. In brackets next to this number is the percentage of those sta-
tions at which Antarctic krill were present. This table provides a breakdown of the stations
into early and late season.
(DOCX)
S3 Table. The data in the table below were used to determine the abundance of juvenile
and adult (male and female) krill in both the early and late season. Blank cells signify no
data
grid_1x2_ID: identifying numbers for each of the 1 degree of latitude by 2 degrees of longitude
cells labelled in S1 Fig.
ave_frac15-30_earlyseason: The percentage of the catches from the grid cell that was 15-30mm
in length from 1 October– 31 December of a season.
ave_frac15-30_lateseason: The percentage of the catches in the grid cell that was 15-30mm in
length from 1 January–April 30 of a season.
>30mm_no_female: The number of measured krill in the catches within the grid cell that
were>30mm in length and female.
>30mm_no_male: The equivalent number of measured krill in the catches that were>30mm
in length and male.
ratio: The ratio of females to males for the grid cell.
(DOCX)
S4 Table. The larval densities (egg, naup&meta, calyptope, furcilia) are those used for the
larval maps. The postlarval densities were divided into juvenile (i.e. 15–30 mm, and the adults
(>30mm) into male or female krill. These values were obtained from S2 Table. Environmental
data for each of the grid cells is also in this table. This was used to create the depth histograms
(Fig 5) and niche tables (Fig 6). Blank cells contain no data
grid_1x2_ID: identifying numbers for each of the 1 degree of latitude by 2 degrees of longitude
grid cells.
egg_density: The average density of eggs (no. m-2) for each of the grid cells. There are only lar-
val data for the late season.
naup&meta_density: The average density (no. m-2) of nauplii and metanauplii / m2 for each of
the grid squares. There are only larval data for the late season.
caly_density: The average density (no. m-2) of calyptope for each of the grid squares. There are
only larval data for the late season.
furc_density: The average density (no. m-2) of furcilia for each of the grid squares. There are
only larval data for the late season.
adult_density_early: The density (no. m-2) of postlarval (>30mm) krill for each of the grid
squares from 1 October– 31 December of a season.
adult_density_late: The average density (no. m-2) of eggs for each of the grid squares from 1
January–April 30, i.e. late season.
depth: Ocean bathymetry was sourced from the GEBCO data series. These data were used to
create isobaths and to derive mean water depth for each of the grid cells.
SST: Climatological February mean sea surface temperature calculated as described in the
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main text.
(DOCX)
S5 Table. This table contains the numbers of stations behind all of the density and length-
frequency data. This information was used in the construction of Fig 6. Blank cells contain no
data.
(DOCX)
S1 Fig. The map shows the identifying numbers for each of the 1o of latitude by 2 o of lon-
gitude grid cells in our south-west Atlantic study area. It is the same map as the main text
Fig 1 which presents the latitude and longitudes of the map domain, allowing re-plotting and
re-analyses of these data if necessary.
S3–S5 Tables link to these labelled cells, presenting the data extracted from KRILLBASE data-
bases on krill post-larval and larval abundance and post-larval length frequency and plotted on
a 1 degree latitude by 2 degree longitude grid. It thus contains the source data used for the con-
struction of all the figures in the paper.
(EPS)
Acknowledgments
We would like to thank Volker Siegel, Peter Ward and Evgeny Pakhomov who provided larval
krill data, and Helen Peat for helping with data extraction from the Polar Data Centre. We
thank Hauke Flores, Grace Saba and two other referees for their comments which allowed us
to improve a previous draft.
Author Contributions
Conceptualization: Frances A. Perry, Angus Atkinson, Se´vrine F. Sailley, Geraint A. Tarling,
Simeon L. Hill.
Data curation: Frances A. Perry, Angus Atkinson, Geraint A. Tarling.
Formal analysis: Frances A. Perry, Angus Atkinson.
Funding acquisition: Angus Atkinson, Se´vrine F. Sailley, Cathy H. Lucas.
Investigation: Frances A. Perry, Angus Atkinson, Simeon L. Hill.
Methodology: Frances A. Perry, Angus Atkinson, Se´vrine F. Sailley, Geraint A. Tarling, Sim-
eon L. Hill, Cathy H. Lucas.
Project administration: Frances A. Perry, Angus Atkinson, Geraint A. Tarling, Cathy H.
Lucas, Daniel J. Mayor.
Resources: Daniel J. Mayor.
Supervision: Angus Atkinson, Se´vrine F. Sailley, Geraint A. Tarling, Simeon L. Hill, Cathy H.
Lucas, Daniel J. Mayor.
Validation: Frances A. Perry, Se´vrine F. Sailley.
Visualization: Simeon L. Hill.
Writing – original draft: Frances A. Perry.
Writing – review & editing: Angus Atkinson, Se´vrine F. Sailley, Geraint A. Tarling, Simeon L.
Hill, Cathy H. Lucas, Daniel J. Mayor.
Spawning hotspots and habitat partitioning in Antarctic krill
PLOS ONE | https://doi.org/10.1371/journal.pone.0219325 July 24, 2019 20 / 25
References
1. Atkinson A, Hill SL, Barange M, Pakhomov EA, Raubenheimer D, Schmidt K, et al. Sardine cycles, krill
declines, and locust plagues: Revisiting “wasp-waist” food webs. Trends Ecol Evol [Internet]. 2014; 29
(6):309–16. Available from: https://doi.org/10.1016/j.tree.2014.03.011 PMID: 24755099
2. Hill SL, Keeble K, Atkinson A, Murphy EJ. A foodweb model to explore uncertainties in the South Geor-
gia shelf pelagic ecosystem. Deep Res Part II Top Stud Oceanogr [Internet]. 2012; 59–60:237–52.
Available from: http://dx.doi.org/10.1016/j.dsr2.2011.09.001
3. Everson I. Krill: Biology, Ecology and Fisheries [Internet]. Fish and Aquatic Resources Series. Oxford:
Blackwell Science; 2000. 372 p. Available from: http://medcontent.metapress.com/index/
A65RM03P4874243N.pdf%5Cnhttp://books.google.com/books?hl=en&lr=&id=yo8fRGvracAC&oi=
fnd&pg=PR3&dq=Krill+Biology,+Ecology+and+Fisheries&ots=9HsmEIbCwu&sig=
CHJDcSoPBmoBqaNmE_MWrGoqcF4
4. Siegel V, Watkins J. Distribution, biomass and demography of Antarctic krill, Euphausia superba. In:
Siegel V, editor. Biology and ecology of Antarctic krill. Springer; 2016. p. 21–100.
5. Voronina N. Comparative abundance and distribution of major filter-feeders in the Antarctic Pelagic
Zone. J Mar Syst. 1998; 17(1–4):375–90.
6. Atkinson A, Siegel V, Pakhomov E, Jessopp M, Loeb V. A re-appraisal of the total biomass and annual
production of Antarctic krill. Deep Res Part I Oceanogr Res Pap. 2009; 56(5):727–40.
7. Grantham G. The utilization of krill. In: Southern Ocean fisheries survey programme GLO/SO/77/3,
Food and Agriculture organization of the United Nations, United Nations development programme.
Rome; 1977. p. 61.
8. Braithwaite J, Meeuwig J, Letessier T, Jenner K, Brierley S. From sea ice to blubber: linking whale con-
dition to krill abundance using historical whaling records. Polar Biol [Internet]. 2015; 38(8):1195–202.
Available from: http://dx.doi.org/10.1007/s00300-015-1685-0
9. Croxall J, Reid K, Prince P. Diet, provisioning and productivity responses of marine predators to differ-
ences in availability of Antarctic krill. Mar Ecol Prog Ser. 1999; 177:115–31.
10. Reid K, Croxall J, Briggs D, Murphy E. Antarctic ecosystem monitoring: Quantifying the response of
ecosystem indicators to variability in Antarctic krill. ICES J Mar Sci. 2005; 62(3):366–73.
11. Trivelpiece W, Hinke J, Miller A, Reiss C, Trivelpiece S, Watters G. Variability in krill biomass links har-
vesting and climate warming to penguin population changes in Antarctica. Proc Natl Acad Sci [Internet].
2011; 108(18):7625–8. Available from: https://doi.org/10.1073/pnas.1016560108 PMID: 21482793
12. Nicol S, Bowie A, Jarman S, Lannuzel D, Meiners K, van der Merwe P. Southern Ocean iron fertilization
by baleen whales and Antarctic krill. Fish Fish. 2010; 11:203–9.
13. Schmidt K, Schlosser C, Atkinson A, Fielding S, Venables H, Waluda C, et al. Zooplankton Gut Passage
Mobilizes Lithogenic Iron for Ocean Productivity. Curr Biol [Internet]. 2016; 26:2667–73. Available from:
https://doi.org/10.1016/j.cub.2016.07.058 PMID: 27641768
14. Pakhomov E, Froneman P, Perissinotto R. Salp/krill interactions in the Southern Ocean: Spatial segre-
gation and implications for the carbon flux. Deep Res Part II Top Stud Oceanogr. 2002; 49:1881–907.
15. Siegel V. Biology and ecology of the Antarctic krill [Internet]. Piepenburg D, editor. Vol. 1, Advances in
Polar Ecology. Springer International Publishing; 2016. Available from: http://download.springer.com/
static/pdf/130/bok:978-3-319-29279-3.pdf?originUrl = http://link.springer.com/book/10.1007/978-3-
319-29279-3&token2=exp=1471340428~acl=/static/pdf/130/bok:978-3-319-29279-3.pdf?originUrl =
http://link.springer.com/bo
16. Marr J. The natural history and geography of the Antarctic Krill (Euphausia superba Dana). Discov
Reports. 1962; 10:33–464.
17. Mackintosh N. Distribution of post-larval krill in the Antarctic. Discov Reports. 1973; 36:95–156.
18. Atkinson A, Siegel V, Pakhomov EA, Rothery P, Loeb V, Ross RM, et al. Oceanic circumpolar habitats
of Antarctic krill. Mar Ecol Prog Ser. 2008; 362:1–23.
19. Ikeda T, Thomas PG. Longevity of the Antarctic krill (Euphausia superba Dana) based on a laboratory
experiment. Proc NIPR Symp Polar Biol. 1987; 1(1979):56–62.
20. Marschall H. Sinking speed, density and size of euphausiid eggs. Meeresforschung1. 1983; 30:1–9.
21. Jia Z, Virtue P, Swadling KM, Kawaguchi S. A photographic documentation of the development of Ant-
arctic krill (Euphausia superba) from egg to early juvenile. Polar Biol. 2014; 37(2):165–79.
22. El-Sayed S. History, organisation and accomplishments of the BIOMASS programme. In: Southern
Ocean ecology:The BIOMASS perspective. Cambridge: Cambridge University Press; 1994. p. 1–8.
23. Siegel V. Structure and composition of the Antarctic krill stocks in the Bransfield Strait Antarctic Penin-
sula during the second International BIOMASS Experiment SIBEX. Arch fur Fischereiwiss. 1986;
37:51–72.
Spawning hotspots and habitat partitioning in Antarctic krill
PLOS ONE | https://doi.org/10.1371/journal.pone.0219325 July 24, 2019 21 / 25
24. Constable A, de la Mare W, Agnew D, Everson I, Miller D. Managing fisheries to conserve the Antarctic
marine ecosystem: practical implementation of the Convention on the Conservation of Antarctic Marine
Living Resources (CCAMLR). ICES J Mar Sci. 2000; 57:778–91.
25. Skjoldal HR, Wiebe PH, Postel L, Knutsen T, Kaartvedt S, Sameoto DD. Intercomparison of zooplank-
ton (net) sampling systems: Results from the ICES/GLOBEC sea-going workshop. Prog Oceanogr
[Internet]. 2013; 108:1–42. Available from: http://dx.doi.org/10.1016/j.pocean.2012.10.006
26. Saba GK, Fraser WR, Saba VS, Iannuzzi R a, Coleman KE, Doney SC, et al. Winter and spring controls
on the summer food web of the coastal West Antarctic Peninsula. Nat Commun [Internet]. 2014;
5:4318. Available from: http://www.ncbi.nlm.nih.gov/pubmed/25000452 https://doi.org/10.1038/
ncomms5318 PMID: 25000452
27. Hosie G, Ikeda T, Stolp M. Distribution, Abundance and population structure of the Antarctic krill
(Euphausia superba Dana) in the Prydz Bay region, Antarctica. Polar Biol. 1988; 8(3):213–24.
28. Daly K. Overwintering development, growth, and feeding of larval Euphausia superba in the Antarctic
marginal ice zone. Limnol Oceanogr. 1990; 35(7):1564–76.
29. Hempel I. Vertical distribution of eggs and nauplii of krill (Euphausia superba) south of Elephant Island.
Meeresforschung. 1979; 27:19–123.
30. Hempel I, Hempel G. Distribution of euphausiid larvae in the southern Weddell Sea. Meeresforsch.
1982; 29:253–266.
31. Ichii T, Katayama K, Obitsu N, Ishii H, Naganobu M. Occurrence of Antarctic krill (Euphausia superba)
concentrations in the vicinity of the South Shetland Islands: relationship to environmental parameters.
Deep Res I. 1998; 45:1235–62.
32. Siegel V, Reiss C, Dietrich K, Haraldsson M, Rohardt G. Distribution and abundance of Antarctic krill
(Euphausia superba) along the Antarctic Peninsula. Deep Res Part I Oceanogr Res Pap [Internet].
2013; 77:63–74. Available from: http://dx.doi.org/10.1016/j.dsr.2013.02.005
33. Atkinson A, Siegel V, Pakhomov EA, Rothery P. Long-term decline in krill stock and increase in salps
within the Southern Ocean. Nature. 2004; 432(November):100–3.
34. Siegel V, Kawaguchi S, Ward P, Litvinov F, Sushin V. Krill demography and large-scale distribution in
the southwest Atlantic during January / February 2000. Deep Sea Res Part II Top Stud Oceanogr.
2004; 51:1253–73.
35. Atkinson A, Hill S, Pakhomov E, Siegel V, Anadon R, Chiba S, et al. KRILLBASE: A circumpolar data-
base of Antarctic krill and salp numerical densities, 1926–2016. Earth Syst Sci Data. 2017; 9(1):193–
210.
36. Orsi A, Whitworth T, Nowlin W. On the meridional extent and fronts of the Antarctic Circumpolar Cur-
rent. Deep Res Part I. 1995; 42(5):641–73.
37. Hofmann EE, Hu¨srevogˇlu YS. A circumpolar modeling study of habitat control of Antarctic krill (Euphau-
sia superba) reproductive success. Deep Res Part II Top Stud Oceanogr. 2003; 50(22–26):3121–42.
38. Piñones A, Fedorov A V. Projected changes of Antarctic krill habitat by the end of the 21st century. Geo-
phys Res Lett. 2016;8580–9.
39. Silk JRD, Thorpe SE, Fielding S, Murphy EJ, Trathan PN, Watkins JL, et al. Environmental correlates of
Antarctic krill distribution in the Scotia Sea and southern Drake Passage. ICES J Mar Sci. 2016; 73
(9):2288–301.
40. Whitehouse MJ, Meredith MP, Rothery P, Atkinson A, Ward P, Korb RE. Rapid warming of the ocean
around South Georgia, Southern Ocean, during the 20th century: Forcings, characteristics and implica-
tions for lower trophic levels. Deep Res Part I Oceanogr Res Pap. 2008; 55(10):1218–28.
41. Schaafsma FL, Kohlbach D, David C, Lange BA, Graeve M, Flores H, et al. Spatio-temporal variability
in the winter diet of larval and juvenile Antarctic krill, Euphausia superba, in ice-covered waters. Mar
Ecol Prog Ser. 2017; 580:101–15.
42. Everson I, Bone D. Detection of krill (Euphausia superba) near the sea surface: preliminary results
using a towed upward-looking echo-sounder. Br Antarct Surv Bull. 1986; 72:61–70.
43. Watkins JL. Aggregation and vertical migration. In: Krill Biology, Ecology and Fisheries. Cambridge
(United Kingdom): Blackwell; 2000. p. 80–102.
44. Kawaguchi S, Nicol S, Virtue P, Davenport S, Casper R, Swadling K, et al. Krill demography and large-
scale distribution in the Western Indian Ocean sector of the Southern Ocean (CCAMLR Division 58.4.2)
in Austral summer of 2006. Deep Res Part II Top Stud Oceanogr [Internet]. 2010; 57(9–10):934–47.
Available from: http://dx.doi.org/10.1016/j.dsr2.2008.06.014
45. Siegel V. Untersuchu zur Biologie des antarktischen Krill, Euphausia superba, im Bereich der Bransfield
Strasse und angrezender Gebiete. Mitt Inst Seefisch Hamburg. 1986; 38:1–244.
Spawning hotspots and habitat partitioning in Antarctic krill
PLOS ONE | https://doi.org/10.1371/journal.pone.0219325 July 24, 2019 22 / 25
46. Siegel V, Wakins J. Distribution, biomass and demography. In: Siegel V, editor. Biology and Ecology of
Antarctic krill. Springer International Publishing; 2016. p. 21–100.
47. Clarke A, Tyler P. Adult Antarctic Krill Feeding at Abyssal Depths. Curr Biol. 2008; 28:282–5.
48. Schmidt K, Atkinson A, Steigenberger S, Fielding S, Lindsay MCM, Pond DW, et al. Seabed foraging by
Antarctic krill: Implications for stock assessment, bentho-pelagic coupling, and the vertical transfer of
iron. Limnol Ocean. 2011; 56(4):1411–28.
49. Cleary A, Durbin E, Casas M, Zhou M. Winter distribution and size structure of Antarctic krill Euphausia
superba populations in-shore along the West Antarctic Peninsula. Mar Ecol Prog Ser. 2016; 552:115–
29.
50. Nowacek DP, Friedlaender AS, Halpin PN, Hazen EL, Johnston DW, Read AJ, et al. Super-aggrega-
tions of krill and humpback whales in Wilhelmina bay, Antarctic Peninsula. PLoS One. 2011; 6(4):2–6.
51. Hofmann E, Capella J, Ross R, Quetin L. Models of the early life history of Euphausia superba-Part I.
Time and temperature dependence during the descent-ascent cycle. Deep Sea Res Part A, Oceanogr
Res Pap. 1992; 39(7–8):1177–200.
52. Ross RM, Quetin LB, Kirsch E. Effect of temperature on developmental times and survival of early larval
stages of Euphausia superba Dana. J Exp Mar Bio Ecol. 1988; 121(1):55–71.
53. Yoshida T, Toda T, Hirano Y, Matsuda T. Effect of temperature on embryo development time and hatch-
ing success of the Antarctic krill Euphausia superba Dana in the laboratory. Mar Freshw Behav Physiol.
2004; 37(2):137–45.
54. Schmidt K, Atkinson A, Venables HJ, Pond DW. Early spawning of Antarctic krill in the Scotia Sea is
fuelled by “superfluous” feeding on non-ice associated phytoplankton blooms. Deep Res Part II Top
Stud Oceanogr [Internet]. 2012; 59–60:159–72. Available from: http://dx.doi.org/10.1016/j.dsr2.2011.
05.002
55. Tarling GA, Cuzin-Roudy J, Thorpe SE, Shreeve RS, Ward P, Murphy EJ. Recruitment of Antarctic krill
Euphausia superba in the South Georgia region: Adult fecundity and the fate of larvae. Mar Ecol Prog
Ser. 2007; 331(November):161–79.
56. Brinton E. The oceanographic structure of the eastern Scotia Sea-III. Distributions of euphausiid spe-
cies and their developmental stages in 1981 in relation to hydrography. Deep Sea Res Part A, Oceanogr
Res Pap. 1985; 32(10):1153–80.
57. Hofmann E, Klinck J, Locarnini R, Fach B, Murphy E. Krill transport in the Scotia Sea and environs. Ant-
arct Sci. 1998; 10(4):406–15.
58. Thorpe S, Murphy E, Watkins J. Circumpolar connections between Antarctic krill (Euphausia superba
Dana) populations: Investigating the roles of ocean and sea ice transport. Deep Res Part I Oceanogr
Res Pap. 2007; 54(5):792–810.
59. Murphy E, Watkins J, Reid K, Trathan P, Everson I, Croxall J, et al. Interannual variability of the South
Georgia marine ecosystem: Biological and physical sources of variation in the abundance of krill. Fish
Oceanogr [Internet]. 1998; 7(3–4):381–90. Available from: http://oro.open.ac.uk/12094/
60. Fach B, Hofmann E, Murphy E. Transport of Antarctic krill (Euphausia superba) across the Scotia Sea.
Part II: Krill growth and survival. Deep Res Part I Oceanogr Res Pap. 2006; 53(6):1011–43.
61. Lascara C, Hofmann E, Ross R, Quetin L. Seasonal variability in the distribution of Antarctic krill,
Euphausia superba, west of the Antarctic Peninsula. Deep Sea Res Part I Oceanogr Res Pap [Internet].
1999; 46(6):951–84. Available from: http://www.sciencedirect.com/science/article/pii/
S0967063798000995
62. Ashjian C, Rosenwaks G, Wiebe P, Davis C, Gallager S, Copley N, et al. Distribution of zooplankton on
the continental shelf off Marguerite Bay, Antarctic Peninsula, during Austral Fall and Winter, 2001.
Deep Res Part II Top Stud Oceanogr. 2004; 51(17–19):2073–98.
63. Piñones A, Hofmann E, Daly K, Dinniman M, Klinck J. Modeling the remote and local connectivity of
Antarctic krill populations along the western Antarctic Peninsula. Mar Ecol Prog Ser. 2013; 481:69–92.
64. Hofmann E, Klinck J, Lascara C, Smith D. Water mass distribution and circulation west of the Antarctic
Peninsula and including Bransfield Strait. Found Ecol Res west Antarct Penins. 1996; 70:61–80.
65. Smith D, Hofmann E, Klinck J, Lascara C. Hydrography and circulation of the West Antarctic Peninsula
Continental Shelf. Deep Res Part I Oceanogr Res Pap. 1999; 46:925–49.
66. Ryabov AB, de Roos AM, Meyer B, Kawaguchi S, Blasius B. Competition-induced starvation drives
large-scale population cycles in Antarctic krill. Nat Ecol Evol [Internet]. 2017; 1:1–8. Available from:
http://www.nature.com/articles/s41559-017-0177 https://doi.org/10.1038/s41559-016-0001
67. Quetin LB, Ross RM, Frazer TK, Amsler MO, Wyatt-Evens C, Oakes SA. Growth of larval krill, Euphau-
sia superba, in fall and winter west of the Antarctic Peninsula. Mar Biol. 2003; 143(5):833–43.
Spawning hotspots and habitat partitioning in Antarctic krill
PLOS ONE | https://doi.org/10.1371/journal.pone.0219325 July 24, 2019 23 / 25
68. McWhinnie M, Denys C, Parkin R, Parkin K. Biological investigation of Euphausia superba (krill). Ant-
arct J United States. 1979; 14:163–4.
69. Ligowski R. Benthic feeding by krill, Euphausia superba Dana, in coastal waters off West Antarctica and
in Admiralty Bay, South Shetland Islands. Polar Biol. 2000; 23(9):619–25.
70. Ikeda T. Metabolic activity of larval stagesof Antarctic krill. Antarct J United States. 1981; 16:161–2.
71. Smetacek V, Scharek R, No¨thig E-M. Seasonal and Regional Variation in the Pelagial and its Relation-
ship to the Life History Cycle of Krill. In: Antarctic Ecosystems, ecological change and conservation.
Heidelberg: Springer-verlag; 1990. p. 103–14.
72. Baker K, Vernet M, Fraser W, Trivelpiece W, Hofmann E, Klinck J, et al. The western Antarctic Penin-
sula region: summary of environmental and ecological processes. In: Ross R, Hofmann E, Quetin L,
editors. Foundations for ecosystem research in the western Antarctic Peninsula region. Washington,
DC: American Geophysical Union; 1996. p. 437–48.
73. Bidigare R, Iriarte J, Kang S, Karentz D, Ondrusek M, Fryxell G. Phytoplankton: quantitative and qualita-
tive assessments. In: Foundations for Ecological Research West of the Antarctic Peninsula, AGU Ant-
arctic Research Series, Volume 70. 1996. p. 173–98.
74. Daly K, Macaulay M. Abundance and distribution of krill in the ice edge zone of the Weddell Sea, austral
spring 1983. Deep Sea Res Part A, Oceanogr Res Pap. 1988; 35(1):21–41.
75. Marschall H. The overwintering strategy of Antarctic krill under the pack-ice of the Weddell Sea. Polar
Biol. 1988; 9(2):129–35.
76. Stretch J, Hamner P, Hamner W, Michel W, Cook J, Sullivan C. Foraging behaviour of Antarctic krill,
Euphausia superba, on sea ice microalgae. Mar Ecol Prog Ser. 1988; 44:131–139.
77. Melnikov I, Spiridonov V. Antarctic krill under perennial sea ice in the western Weddell Sea. Antarct Sci.
1996; 8(4):323–9.
78. Frazer T, Quetin L, Ross R. Abundance and distribution of larval krill, Euphausia superba, associated
with annual sea ice in winter. In: Antarctic Communities: Species, Structure and Survival. Cambridge:
Cambridge University Press; 1997. p. 107–111.
79. Meyer B, Freier U, Grimm V, Groeneveld J, Hunt BPV, Kerwath S, et al. The winter pack-ice zone pro-
vides a sheltered but food-poor habitat for larval Antarctic krill. Nat Ecol Evol. 2017; 1(12):1853–61.
https://doi.org/10.1038/s41559-017-0368-3 PMID: 29133903
80. Siegel V. A concept of seasonal variation of krill (Euphausia superba) distribution and abundance west
of the Antarctic Peninsula. In: Antarctic ocean and resources variability. 1988. p. 219–230.
81. Reiss CS, Cossio A, Santora JA, Dietrich KS, Murray A, Greg Mitchell B, et al. Overwinter habitat selec-
tion by Antarctic krill under varying sea-ice conditions: Implications for top predators and fishery man-
agement. Mar Ecol Prog Ser. 2017; 568:1–16.
82. Kils U. Swimming behavior, swimming performance and energy balance of Antarctic krill Euphausia
superba. BIO- MASS Sci Ser. 1982; 3:1–122.
83. Murphy E. Southern Antarctic Circumpolar Current Front to the northeast of South Georgia: Horizontal
advection of krill and its role in the ecosystem. J Geophys Res [Internet]. 2004; 109(C1):C01029. Avail-
able from: http://doi.wiley.com/10.1029/2002JC001522
84. Murphy E, Thorpe S, Watkins J, Hewitt R. Modeling the krill transport pathways in the Scotia Sea: Spa-
tial and environmental connections generating the seasonal distribution of krill. Deep Res Part II Top
Stud Oceanogr. 2004; 51:1435–56.
85. Kanda K, Takagi K, Seki Y. Movement of the larger swarms of Antarctic krill Euphausia superba popula-
tion off Enderby Land during 1976–1977 season. J Tokyo Univ Fish. 1982; 68:25–42.
86. Tarling GA, Thorpe SE. Instantaneous movement of krill swarms in the Antarctic Circumpolar Current.
Limnol Oceanogr. 2014; 59(3):872–86.
87. Atkinson A, Hill SL, Pakhomov EA, Siegel V, Reiss CS, Loeb VJ, et al. Krill (Euphausia superba) distri-
bution contracts southward during rapid regional warming. Nat Clim Chang [Internet]. 2019; 9(Febru-
ary). Available from: http://www.nature.com/articles/s41558-018-0370-z
88. Grant S, Hill S, Fretwell P. Spatial distribution of management measures, Antarctic krill catch and south-
ern ocean bioregions: implications for conservation planning. CCAMLR Sci. 2013; 20:1–20.
89. Nicol S, Foster J. The fishery for Antarctic krill: Its current status and management regime. In: Biology
and Ecology of Antarctic krill. 1st ed. 2016. p. 387–421.
90. Santa Cruz F, Ernst B, Arata JA, Parada C. Spatial and temporal dynamics of the Antarctic krill fishery
in fishing hotspots in the Bransfield Strait and South Shetland Islands. Fish Res [Internet]. 2018; 208
(January):157–66. Available from: https://doi.org/10.1016/j.fishres.2018.07.020
Spawning hotspots and habitat partitioning in Antarctic krill
PLOS ONE | https://doi.org/10.1371/journal.pone.0219325 July 24, 2019 24 / 25
91. Hinke JT, Cossio AM, Goebel ME, Reiss CS, Trivelpiece WZ, Watters GM. Identifying Risk: Concurrent
overlap of the antarctic krill fishery with krill-dependent predators in the scotia sea. PLoS One. 2017; 12
(1):1–24.
92. Powell RB, Brownlee MTJ, Kellert SR, Ham SH. From awe to satisfaction: Immediate affective
responses to the Antarctic tourism experience. Polar Rec (Gr Brit). 2012; 48(2):145–56.
93. Griffiths HJ. Antarctic marine biodiversity—what do we know about the distribution of life in the southern
ocean? PLoS One. 2010; 5(8).
Spawning hotspots and habitat partitioning in Antarctic krill
PLOS ONE | https://doi.org/10.1371/journal.pone.0219325 July 24, 2019 25 / 25
